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Summary
Research on comparative cognition has largely focused on
successes and failures of animals to solve certain cognitive
tasks, but in humans, memory errors can be more complex
than simple failures to retrieve information [1, 2]. The exis-
tence of various types of ‘‘false memories,’’ in which indi-
viduals remember events that they have never actually
encountered, are now well established in humans [3, 4].
We hypothesize that such systematic memory errors may
be widespread in animals whose natural lifestyle involves
the processing and recollection of memories for multiple
stimuli [5]. We predict that memory traces for various stim-
uli may ‘‘merge,’’ such that features acquired in distinct
bouts of training are combined in an animal’s mind, so
that stimuli that have never been viewed before, but are a
combination of the features presented in training, may be
chosen during recall. We tested this using bumblebees,
Bombus terrestris. When individuals were first trained to a
solid single-colored stimulus followed by a black and white
(b/w)-patterned stimulus, a subsequent preference for the
last entrained stimulus was found in both short-term- and
long-term-memory tests. However, when bees were first
trained to b/w-patterned stimuli followed by solid single-
colored stimuli and were tested in long-term-memory tests
1 or 3 days later, they only initially preferred the most
recently rewarded stimulus, and then switched their prefer-
ence to stimuli that combined features from the previous
color and pattern stimuli. The observed merging of long-
term memories is thus similar to the memory conjunction
error found in humans [6].
Results
Bees were sequentially rewarded on two types of artificial
flowers, one being homogenously yellow and the other con-
sisting of black and white (b/w) concentric circles (henceforth
‘‘black rings’’). One group of bees was rewarded on ‘‘yellow’’
first and later on ‘‘black rings,’’ whereas the other group was
given training in the opposite sequence (Figure 1; for more in-
formation, see the Supplemental Experimental Procedures).
During subsequent tests, bees were given a choice between
three types of flowers, two of which were the same as the pre-
viously entrained stimuli. The third type presented combined
features of both these stimuli, i.e., yellow concentric circles
(henceforth ‘‘hybrid: yellow rings’’). Bees were tested immedi-
ately after training, 1 day after training, or 3 days after training.
Memory for the last rewarded flower type was high for both
training groups when tested in the short-term memory (STM)
test (Figure 2A, ‘‘yellow’’ then ‘‘black rings’’: 79.5% total group
choices were for the last entrained type, where chance expec-
tation is 33.3%; Chi-square test for independence, c2 = 86.6,
df = 2, p < 0.0001; Figure 2B, ‘‘black rings’’ then ‘‘yellow’’:
77% for the last entrained flower type, c2 = 81.5, df = 2,
p < 0.0001). In this test, which occurred within minutes after
training, performance was governed by STM for the last
rewarding stimulus, and the dominance of this memory re-
mained high throughout the test (a Friedman test performed
for individual preference revealed no significant change of
choice values for the last rewarded stimulus over the four
choice bins from the first five to the last five choices; ‘‘yellow’’
then ‘‘black rings’’: Fr = 6.167, p = 0.1; ‘‘black rings’’ then
‘‘yellow’’: Fr = 1.8, p = 0.615).
A different picture emerged when bees were tested 1 or
3 days later. In this case, bees had to interrogate their long-
term memory (LTM) for stimuli that had been rewarding in
the past. LTM relies on different mechanisms and resides in
different brain areas, and it is larger in capacity than STM [7].
We thus expected bees, in some way, to respond to both of
the stimuli that had been previously associated with reward.
For the group trained to the ‘‘black rings’’ first, 24 hr after
training the mean percentage choice for the last rewarded
flower type, ‘‘yellow,’’ was initially above chance (78%) for
the first five choices of the test (Figure 2D) but was below
chance (average 23%) during the remainder of the test (Fr =
19.6, p = 0.0002; Figure 2D). Conversely, the mean percentage
choice for the ‘‘hybrid: yellow rings’’ flower type was initially
below chance level (16%) during the first five choices of
the test but was above chance (average 47%) for the last
15 choices (Fr = 11.7, p = 0.0085; Figure 2D). Three days after
training, the same effect was seen: mean choices for ‘‘yellow’’
(last rewarded stimulus) were initially high at 60% but then
fell to around 30% in the last ten trials (Fr = 15.1, p = 0.0017;
Figure 2F). Over the same test, the preference for ‘‘hybrid:
yellow rings’’: increased from 34% in the first ten trials to about
50% in the last ten trials (Fr = 10.9, p = 0.012; Figure 2F). Thus,
over the course of the LTM tests, bees switched their pre-
ference from the most recently rewarded pattern to a hybrid
visual display that they had never seen before and that
merged features of both previously rewarding flowers.
For the group trained to ‘‘yellow’’ first, the last rewarded
flower type (‘‘black rings’’) remained the most preferred one
throughout the tests both 1 and 3 days after training (Figures
2D and 2E). At both intervals, the moderate change observed
over time for the last rewarded flower type was not significant
(1 day: Fr = 5.17, p = 0.16; 3 days: Fr = 2.03, p = 0.56). At 1 day
after training, there was a significant change in the preference
for the ‘‘hybrid: yellow rings’’ flower type over the course of
the test (Fr = 8.15, p = 0.043), but the choices for this pattern
never exceeded those for the last visited rewarded type (‘‘black
rings’’; Figure 2C). No change was seen in the preference
for the ‘‘hybrid: yellow rings’’ type at 3 days after training
(Fr = 2.96, p = 0.4). Thus, memory merging only occurred
when bees were entrained to a b/w pattern followed by a
single-colored stimulus. When this order was reversed, bees’
performance in an LTM test can be explained by recency/
retroactive interference [8]. Here, newly learned information
impedes the recall of prior learned information [9, 10]. Such
retroactive interference, and suppression of information*Correspondence: l.chittka@qmul.ac.uk
acquired earlier in reversal learning tasks, has been shown in
various species of bees [11–13].
Control: Memory Merging or Generalization
The ‘‘hybrid: yellow rings’’ flower shares the yellowness with
the previously rewarded ‘‘yellow’’ flowers. It is thus possible
that preference for the hybrid flowers was in part a result of
generalization for the feature of yellowness, without an effect
of the training to the ‘‘black rings’’ flower type. In theory, an
additional preference for pattern dissectedness [14, 15] might
have driven bees to prefer the ‘‘yellow rings’’ flowers of the
previously rewarded ‘‘yellow’’ flowers.
To exclude this possibility, we modified the experimental
procedure to include a control group using a b/w flower
pattern not contained in the ‘‘yellow rings’’ pattern. In this
case, a group of bees was first trained to a pattern displaying
vertical and horizontal black lines (henceforth ‘‘black grid’’)
and subsequently to ‘‘yellow’’ flowers. During tests 24 hr later,
bees were shown the flower types ‘‘yellow’’ and ‘‘black grid’’ in
addition to the ‘‘yellow rings’’ type used in the memory merg-
ing test above.
In this control experiment, bees simply preferred the
stimulus on which they were last rewarded, i.e., ‘‘yellow,’’
throughout the entire 20 choices, though there was a signifi-
cant decrease in preference for this target over the course of
Figure 1. Basic Types of Artificial Flowers, and
Training Schedule
(A) Example artificial flower (Ø = 7 cm), showing
the central hole (Ø = 0.5 cm) enabling the experi-
menter to insert a reward droplet from outside the
arena by means of an electronic pipette. Beneath
the hole in front of the artificial flower target,
a Perspex landing platform (1.5cm 3 1.5cm 3
1cm) is attached with Velcro, allowing rapid
detachment and re-attachment after cleaning.
All flower types had this basic design.
(B–E) Single-colored flowers were circular and
yellow (experiment 1; B) or blue (experiment 2;
not shown). Ringed flower types had a colored
black (C), yellow (D), or blue (not shown) ring
around the central hole (width of 4.5 mm) and
two white and two colored rings toward the pe-
riphery, each with a stripe width of 7 mm. ‘‘Black
grid’’ flowers (E) and ‘‘blue grid’’ flowers (not
shown) had 7 mm stripes on a white background,
as shown.
(F) Example training schedule, shown here for
bees first trained to ‘‘black rings’’ then ‘‘yellow’’
flowers. +, reward (sucrose solution); 2, no
reward. Other groups of bees were trained with
the reversedorder,with ‘‘blue’’ insteadof ‘‘yellow,’’
or with ‘‘black grids’’ instead of ‘‘black rings.’’
See also Figure S1.
the test (Fr = 9.6, p = 0.022; Figure 3A).
However, no preference for the ‘‘yellow
rings’’ flower type over the previously
rewarded flower types was observed in
any phase of the test, and the moderate
increase in preference for this flower
type was not significant (Fr = 7.8, p =
0.051). Comparing the control with the
memory merging result (in which bees
had first been rewarded on ‘‘black rings’’
and subsequently ‘‘yellow’’), there was
a significant difference of the choice values in the second
half of the test (last ten choices: c2 = 23.8, df = 2, p = 0.001).
This lack of a switch of preference to the ‘‘yellow rings’’ flower
in this test, in contrast to the experiment above, also shows
that there is no inherent attractiveness of this flower type
(e.g., by way of its contour length or dissectedness). These
results support the occurrence of memory merging from
features of both patterns rewarded during training when LTM
is utilized, rather than a generalization from just one of the
rewarded patterns.
Experiment 2: Memory Merging for Different
Stimulus Combinations
To further explore the generality of our finding that memory
merging occurs when bees are entrained first to b/w patterns
and then to single-colored stimuli, we tested bees on twomore
combinations of colors and patterns. One group of bees was
trained on ‘‘black rings’’ first (Figure 3B), and another on ‘‘black
grid’’ flowers (Figure 3C). Both groups were subsequently
rewarded on homogeneously blue-colored targets, following
the same reversal learning schedule as above. In tests 1 day
later, bees were given a choice between four target types:
both of the flower types that had been rewarded earlier, as
well as blue concentric rings and blue grids. Our evaluation
of the experiment above revealed that if preferences changed
742
in the course of the experiment at all, they did so roughly
halfway through the test (or, indeed, earlier). We therefore
simplified the analysis to compare preferences solely in the
first half and the second half of the test.
In the first half of the test (first ten choices), bees sequentially
trainedon ‘‘black rings’’ then ‘‘blue’’ preferred themost recently
rewarding stimulus (‘‘blue’’) as well as the merged stimulus
(‘‘blue rings’’) over the other types (‘‘black grid,’’ ‘‘blue grid’’;
Chi-square test for independence, c2 = 19.76, df = 3, p =
0.0002; Figure 3B). However, they preferred the merged stim-
ulus ‘‘blue rings’’ in the second ten choices of the test over
the stimuli previously rewarding. The distribution of choices
was significantly different from chance (c2 = 22.41, df = 3, p <
0.0001). Bees trained first on ‘‘black grid’’ then ‘‘blue’’ initially
preferred ‘‘blue’’ over the other types (c2 = 23.68, df = 3,
p < 0.0001), but they switched their preference to the merged
Figure 2. Choice Values in Tests for Two Types of
Entrained Flower Types, as well as a Pattern that
Merges Features from Both Flower Types
(A, C, and E) Training to ‘‘yellow’’ then ‘‘black
rings.’’ At all time intervals (STM test within
minutes, A; LTM tests at 1 day and 3 days, C
and E), bees consistently preferred the most
recently rewarding color.
(B, D, and F) Training to ‘‘black rings’’ then
‘‘yellow.’’ In the STM test (B), bees again pre-
ferred the recently rewarded stimulus (‘‘yellow’’);
in LTM tests (D and F), this was also initially the
case, but bees then shifted their preference to
hybrid: ‘‘yellow rings’’—the stimulus that con-
tained features from both previously encoun-
tered flower types.
Each panel contains data from ten bees, and each
data point consists of 50 choices. Asterisks indi-
cate significant changes over the course of the
test in the preference for both the last rewarding
flower types and the hybrid flower type (Friedman
test). In none of the six groups were there signifi-
cant changes for the stimulus that had been re-
warded first, before the reversal learning phase
(Friedman test, p > 0.05 in all cases).
stimulus ‘‘blue grid’’ over all other types
(c2 = 29.64, df = 3, p < 0.0001) in the
second half of the test (Figure 3C).
Discussion
Bees trained on two visually distinct arti-
ficial flower types show high levels of
memory retention for the most recently
rewarded stimulus initially, but 1 and
3days after learning, an initial preference
for the last entrained stimulus is quickly
succeeded by a preference for a hybrid
flower that combines the two learned
visual features, color and pattern. The
observed changes of preference over
the course of testing cannot be ex-
plained by absence of reward in the
tests. This might result in gradual weak-
ening of the preference for the previous
stimulus in conjunction with generaliza-
tion to similar stimuli or simple explora-
tion of alternative stimuli. Conversely,
in all cases in which bees were trained to a b/w pattern and
then a single-colored stimulus, the change in preference ob-
servedover thecourseof the testwasspecificand reproducible
and resulted in a preference for the merged stimulus only.
Bumblebeememory therefore seems to be susceptible to an
error specific to the integration of multiple memories in a
similar way as human memory does in certain experimental
settings. The ‘‘memory conjunction error’’ in which partial
information from multiple memories is combined to create a
‘‘hybrid memory’’ containing elements of multiple memories
is known to effect human memory for pictures of faces,
nonsense words, and simple sentences [6, 16]. Here we have
shown that, when presented with an artificial flower displaying
a combination of features previously learned, bees mistakenly
select this merged stimulus in later test phases, rather than
their memory simply degrading over time.
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This depended on the sequence of training of the two stim-
uli, however. Memorymerging only occurred when the colored
(yellow or blue) stimulus followed the b/w pattern. Conversely,
when the b/w pattern followed the color training, bees simply
preferred the last entrained stimulus at all testing intervals.
This highlights the potential importance of the order of artificial
flower presentation in a reversal learning paradigm for both
experimental design and data interpretation. A possible expla-
nation might be differences in the strengths of memory traces
for different artificial flower types: colors versus patterns. It
may be that the memory traces for the b/w-patterned flower
type were stronger than for the unicolor flower type and as
such were more resistant to both memory decay and manipu-
lation. In humans, it is known that stronger memory traces are
less prone to the effects of suggestibility [17]. However, if there
was such a difference, it was not apparent in the training
phase, in which bees performed equally well when trained to
‘‘yellow’’ or ‘‘black rings’’ first andwere equally good at reverse
learning both respective associations. Hence, the reason that
memory merging occurs only for one of the two training se-
quences is not clear.
One potential explanation for the formation of such a mem-
ory conjunction error is that the failure occurs at retrieval [18]
and involves ‘‘processing fluency’’ [19]. In this argument,
during recall or recognition, source monitoring, which is the
set of processes that make attributions about memory origins
[20, 21], is low and as a result a misattribution occurs due to
‘‘remembering’’ on the basis of the feeling of familiarity [18].
These ‘‘memories’’ are therefore not based on the recollec-
tions of the specific details of items to be recalled/recog-
nized, but rather on a more general feature that applies not
only to the items to be recalled, but also to other items, which
results in their erroneous retrieval. It is known that human
memory utilizes the cognitive processes of categorization
and generalization, in which a large number or items can be
stored and recalled based on just a few exemplars, in order
to economize and gain efficiency [22, 23]. It has been pro-
posed that memory errors caused by misattribution (one of
which is the memory conjunction error) may therefore simply
be inevitable byproducts of the adaptive cognitive ability to
form general concepts [3, 5, 24]. Many non-human animal
species, including bees, can categorize visual patterns by
shared properties, and indeed, bees appear to have the abil-
ity to form simple spatial concepts [25–29]. These abilities
might come with undesirable side effects, such as misattribu-
tion errors.
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Figure 3. Memory Merging versus Generalization
Choice percentages6 SE 24 hr after training for bees trained to ‘‘black grid’’
then ‘‘yellow’’ flowers (in sequential bins of five choices; A), ‘‘black rings’’
then ‘‘blue’’ (B), and ‘‘black grids’’ then ‘‘blue’’ (in bins of the first ten and sec-
ond ten choices; C). N = 10 individuals in all groups. (A) shows that bees do
not simply prefer the ‘‘yellow rings’’ stimulus as a result of stimulus general-
ization from the previous ‘‘yellow’’ stimulus (cf. results in Figure 2D): if bees
had earlier been rewarded on a pattern (‘‘black grid’’) whose features were
not contained in the ‘‘yellow rings’’ pattern, this latter pattern was not
preferred. (B) shows bees’ preference for a merged stimulus after training
to ‘‘black rings’’ then ‘‘blue’’ in the second (not the first) ten choices of the
test; again, only the stimulus combining both pattern and color (‘‘blue rings’’)
was preferred, not the ‘‘blue grid’’ pattern. (C) shows that the reverse
choice pattern was observed when bees were first rewarded on the
‘‘black grid’’ and later on the ‘‘blue’’ flowers, where, in the second half
of the test, bees again preferred the merged (and previously unfamiliar)
stimulus ‘‘blue grid’’ over all the other types.
744
Acknowledgments
K.H. was supported by a PhD studentship provided by the National Environ-
mental Research Council (NE/H525089/1), and L.C. is supported by a Royal
Society Wolfson Research Merit Award (WM130106). We thank Oscar
Ramos-Rodriguez for assistance with experiments.
Received: October 8, 2014
Revised: December 10, 2014
Accepted: January 7, 2015
Published: February 26, 2015
References
1. Roediger, H.L., and McDermott, K.B. (1995). Creating false memories -
remembering words not presented in lists. J. Exp. Psychol. Learn. 21,
803–814.
2. Loftus, E.F., and Palmer, J.C. (1974). Reconstruction of automobile
destruction - Example of interaction between language and memory.
J. Verbal Learn. Verbal Behav. 13, 585–589.
3. Schacter, D.L. (2001). The Seven Sins of Memory (Boston: Houghton
Mifflin).
4. Loftus, E.F. (2005). Planting misinformation in the human mind: a
30-year investigation of the malleability of memory. Learn. Mem. 12,
361–366.
5. Hunt, K., and Chittka, L. (2014). False memory susceptibility is corre-
lated with categorisation ability in humans. F1000Res. 3, 154.
6. Reinitz, M.T., Lammers, W.J., and Cochran, B.P. (1992). Memory-
conjunction errors:miscombination of stored stimulus features can pro-
duce illusions of memory. Mem. Cognit. 20, 1–11.
7. Menzel, R. (2001). Behavioral and neural mechanisms of learning and
memory as determinants of flower constancy. In Cognitive Ecology of
Pollination, L. Chittka and J.D. Thomson, eds. (Cambridge: University
Press), pp. 21–40.
8. Mu¨ller, G.E., and Pilzecker, A. (1900). Experimentelle Beitra¨ge zur Lehre
vomGeda¨chtnis. Zeitschrift fu¨r Psychologie: Erga¨nzungsband 1, 1–300.
9. Briggs, G.E. (1954). Acquisition, extinction, and recovery functions in
retroactive inhibition. J. Exp. Psychol. 47, 285–293.
10. Anderson, R.C., and Myrow, D.L. (1971). Retroactive inhibition of mean-
ingful discourse. J. Educ. Psychol. 62, 81–94.
11. Cheng, K., and Wignall, A.E. (2006). Honeybees (Apis mellifera) holding
on to memories: response competition causes retroactive interference
effects. Anim. Cogn. 9, 141–150.
12. Chittka, L. (1998). Sensorimotor learning in bumblebees: long term
retention and reversal training. J. Exp. Biol. 201, 515–524.
13. Dukas, R. (1995). Transfer and interference in bumblebee learning.
Anim. Behav. 49, 1481–1490.
14. Hertz, M. (1937). Beitrag zum Farbensinn und Formensinn der Biene.
Z. Vgl. Physiol. 24, 413–421.
15. Lehrer, M., Horridge, G.A., Zhang, S.W., and Gadagkar, R. (1995). Shape
vision in bees: innate preference for flower-like patterns. Philos. Trans.
R. Soc. Lond. B Biol. Sci. 347, 123–137.
16. Reinitz, M.T., and Demb, J.B. (1994). Implicit and explicit memory for
compound words. Mem. Cognit. 22, 687–694.
17. Pezdek, K., and Roe, C. (1995). The effect of memory trace strength on
suggestibility. J. Exp. Child Psychol. 60, 116–128.
18. Rubin, S.R., Petten, C.V., Glisky, E.L., and Newberg, W.M. (1999).
Memory conjunction errors in younger and older adults: event-related
potential and neuropsychological data. Cogn. Neuropsychol. 16,
459–488.
19. Jacoby, L.L. (1991). A process dissociation framework: Separating
automatic from intentional uses of memory. J. Mem. Lang. 30, 513–541.
20. Johnson, M.K. (1988). Discriminating the origin of Information. In
Delusional Beliefs, T. Oltmaims and B. Ma¨her, eds. (New York: Wiley),
pp. 34–65.
21. Johnson, M.K., Hashtroudi, S., and Lindsay, D.S. (1993). Source moni-
toring. Psychol. Bull. 114, 3–28.
22. Chittka, L., and Niven, J. (2009). Are bigger brains better? Curr. Biol. 19,
R995–R1008.
23. McClelland, J.L. (1995). Constructive memory and memory distortions:
a parallel-distributed processing approach. In Memory Distortion: How
Minds, Brains, and Societies Reconstruct the Past, D.L. Schacter, ed.
(Cambridge: Harvard University Press), pp. 69–90.
24. Schacter, D.L. (1999). The seven sins of memory. Insights from psychol-
ogy and cognitive neuroscience. Am. Psychol. 54, 182–203.
25. Chittka, L., and Jensen, K. (2011). Animal cognition: concepts from apes
to bees. Curr. Biol. 21, R116–R119.
26. Zhang, S., Srinivasan, M.V., Zhu, H., and Wong, J. (2004). Grouping of
visual objects by honeybees. J. Exp. Biol. 207, 3289–3298.
27. Giurfa, M., Eichmann, B., andMenzel, R. (1996). Symmetry perception in
an insect. Nature 382, 458–461.
28. Avargue`s-Weber, A., Dyer, A.G., and Giurfa, M. (2011).
Conceptualization of above and below relationships by an insect.
Proc. Biol. Sci. 278, 898–905.
29. Wright, G.A., Kottcamp, S.M., and Thomson,M.G. (2008). Generalization
mediates sensitivity to complex odor features in the honeybee. PLoS
ONE 3, e1704.
745
